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s AT, WA dhth, P &

PN B BITE) - AR OMALOMEL, Gk, TRk SO A R KL Lvwbwd (J
M) SEHESE IOV TEZ SN TV, L2 LAENS, 0%, AMIBVT) A7y VR A7 5k

&, CFIIMEE T IS B R B 22 S D I B E S 5 7012

o T&7. ZL7TC, 1991 412 Yoshimura & Clark (£

FRAT I L AER D FIGHIC L & IO ETHH I L 2R L7z, TNOEDOFERP L, FBATFIZHEIL LA

ZEERBE TR % 2 &2 D BIIRREILORETSH ),
Hg L L7 R O RETH 5 2 L hsbho iz

A B A E OB D ST 5.
F—TU—F 0 HRGETES,

DER D BT FIGBIGE (L LB B THUR A e W 2 & &
T, IS EERERIIC X B AEY oIS HE Lo i

WIOAELL, Rt ISR, BREEOANMEENE, AAMTIMIGEE

1. LIS

Z—r7 4 ¥ (Darwin) I, 1856 412 FARFUCTEAEY
5 PGB L o TEWITEN T 2 2 E 2T, BRE
EIN (natural selection) Bam B L7z [1]. ¥—7«

X o THRMICIRNE S 7z AREIRER DS, #I5T
(0)75 13 DNA) D3RZ% &R & A1 EO R
AL 72 b T, REEEFE 2T & LEY O
CHEALDFEARI G [HELOBET REFI) ] 25
ANz (2, 3] A EIE BT ORRERDE
R HERN GG, TORMETHPEWER (M
BE) WIZIEDI2 2 ET, (ko (BP4) @R TICES
Wby, EWIELT L] L) DT, Hiy—ra
‘/I% (Neo-Darwinism) & bIFIZN S, HEAF - 250

CENLZTFHERDE ) REZBEISE WO, BIGE
@?h# WVEIETRERD LD Z L OTHRIZ, €D
BIEFREEOREEZRST EER L. 202D, 11
BIGEE (mean fitness) (ZHIFRFZEIHRMIIIE (expected
reproductive success) & bIFIEND. O LHIZ, H
PREFUTPIBICE & RIS 2 iElifE Th 5 & &
ZHNTWS [4, 5.
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2022 4F 1 A%

EALDAET T, T3, BIEFIIFIIRERDIE A
Iy, ek L TRIZNERPERSINS. £
LC, ZOBETOHEEG GEETHEE) 1, HA®ER
& o TELT 5. BUEZ & 50 5 8InT 2 ¥ A
Rf L5 BRETVTIE, # L WERERGRIA T
ORI 2 CTHAERETICEESRD L2, ThLd
BN L CHEZ DRI 5. L LD,
RARDOROENEEFIIB T L ELET VI,
SESE LB EOE (i) PRETHo72. bo
D HEERBGEDVBIZTHEICH T 2IRETH L. &
ﬁfi%@ﬁi‘ﬂ’ﬂ&iﬁfﬁ%?}bf‘ 1, BIETFHEER
D 72012, BERICIRIRER 2 GE L T Y, EWER
(ﬂEHﬁ%?) YA XOBHITE Z T, ZOEMRET

Zb e, ¥4 13y avNL (Drosophila
melanogaster) % &7 VA & L 72 E BRSO FEER
FIWFFEAM IR T 1990 SR T THEBS N T &7 [2, 3.
ZD &) AN OIEAN L RBIE TV T, TEEE—
EGEFEM) & LTRh, AWER (AR ok
B R Z ORROMMEHR ) Z L ETERh o7

19 MEACAIEEA &, BREE & v ) a2 IHRE IS 72 A 12D
NT, EWLZN %20 FOREOBRE RS 455

AW L OV RRE A S L CHEAL ST
%7‘:. FZ, ¥4 U [HORE] %72
1, WL VCOBMSBEEIEEL ol F—7 g
i, FZREIR (natural selection) % RE R - TF
Fo NAFEIR (artificial selection) (23t L T2 2
s, ) OHKDEIRT 2 L E 2 Twiz e llbh
5. TORMNETAHE, HRNERIZ, BURIICIZRE
FIREMFATH Jnpd Lk, 2F ), ARANE
P GBI 35 2 & N®IR, B2 (850 A9
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52 LR HRBEIRE 73BT RINE KT & 5. ARE
FTIE, EWHBED L) BT, Yok RIEEE
HALS A, WG LR IgELTE[6,7]. &<
BB L oMb ) OfT, BHEESED LS ITEET
LH R BERAERETE, aby - T VT TS
BALEOSEFSERYIEFVAZRLCTE [6].
COEHIZ, EREFTIE, BB L OMREE R, fH
BHOEBHRLHHAEEL L TE2OTH 5.
ANHRZ 2 OEWIZE - THEBITE I ELTE
1t - ZB L T2, BROANFEEL §TXTOEY
AR - L LT <9 2 TRE S N Wil Stk T
BB, IR REE, KIEE), #HEZLR O BKROYE
BREE720 T4, MR AR LR i 7 &3
W EOEEBE L WIS L - AFLCwE. I
5 OBEEEDZAL - ABAs, BRERICB T 5 &# ki
ED L) il RSz 200, EROBAEFHTIEIZ
EAEERENT I o7, Z0oMEE, £EEE
FERMULE LISELORGHPESRM S & E kb o
2 EICRNLTWS L EbNG. EEECRER
DFERE L B2, EALEYETH BARREOLL - &
B EZ SR B R o7 B, ¥4 VA
A [HokE] THRERZIRB L& &2, AR
ROZAL - BE 2 HETECW»R>AHTH 5.
AEGCIE, BROAMEEMAHRBIRO iR LA
I RAT T 2 O) MEERR R B AR B IRER £ /0 5.
ZLTC, 20IHE LT, 18k (5l “PI#EELET
3R 72 o ToBRBTEB KT 2 REAREISBE O REE
TdH LR PIPHEICE IS B, b, ARIEEIE
#(1995) [8], Yoshimura et al. (2009) DL ¥ =2 — [9]
BLOHEFHOMLIZET 2 = o0%EE [10, 11] & i
ICFLOLBLEHHNHTD 5.

2. EIRATHEEM &AM FY : #ER/OE
RIBIRIBZR [12]

PERDMALOB AT TIE, HREIUSEN OBIGIZ
BOWTRELREEZ L7256 TEELONTWE §
b, LW LA & ASGEIIC L) Sl 2R - 1T
BAELT 5 L BbhTnie, DF 0, FERIGED
bo LB EWEHEIZHEN T 5 EER LN TV [2, 3]
070, BERTIE, BROAHEELZIEL <k
CENTEhodz. L IAHD, EWEEROFHRENL,
BT EBBEOMEEHTRE Y, ZoRIMHPE
B HRBIROE (55) I2h050TH5H, FH
MO OFE %2310, BETRZTTRE S &
) =D A Y TIWELED &9 BIE TIEREZ WS

B (6) Copyright © by ORSJ. Unauthorized reproduction of this article is prohibited.
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B 1 AHEEMERE T ICBT 2 RROFBIHEILNERT » v v
V&R T RGEIGE O, (AR, REER)
(a) FHEOBEERT > v b (5 L#ETHO
BISEE (F58) . AHEEMEBREE T ORBEAR Yinax (3281
il wmax) &0 EETFIRE Zmax GEfmTH mmax>
RS 5. (b) iR (GRBI) oG (IEH
54). SoOTHEE GHETE) &35 [9).

fol ZAE, A X (K- RE) 0Lz, EWE
ROREER L T & 7835 L IR FRHOMETRES L9
%4 ORJIMIBREROGE T TLE). £
D7z, FUBETEOEEEE WL LR X0 X
O R FBINIRER A E LOT LIl % D, KRS
HIZT A OHEETH DT, ARERORELT T
L AZZOBEFENEMLR L 2D, 2020, BIZT
ROREEATHEIC %5 [12]. 22 TIE, oKD
AN TENE % MR A 7SRRI B 2R BRI, O J5 T 4 )
MOEEZNZE > THIT S [8, 9].

21 RBUOBEWERT 2+

C T, IO RE & FBA LB/ R AT X
572012, KBETIETREELZ BWRT 2 SRR
TV EMY, EEFRICE TREIGE] s
ZEIZT D [12). BWIIMERICK D EIGER T vy
WISE L. —iRIZ, BISEERT V¥ v uid, R E
s meERiERs v RE e ofEE LT
WISERT v b f 2E€T (M 1(a)) :

f=1r) (1)
WIGERT ¥ ¥ v VA RGEEO ML TED &) 124

FRL—2a v X )H—F



LT 201E, COHWOREIZL > TRRL. BYO
R GRBE) \CEWEBRRSH ), Eo k)M
52 THZENLEIEREC OV E W) RRDYE
5. —RKICZOBGERT vk, 7272—o
DY A X% b Oo— LB (HIER) L7 5. Kl
K Zmax (22T, f(Tmax) = max {f(x)}) &, &
KAEEORFUIENEEZ SNLEDT, HWISERT >~
Uy VIRIREEE A D & BEICRL b EHETE
% (1M 1(a), HO Yiax ¥ Tmax 12HY).
FHEIOBICERT > vy b £k, TOBEEL -
7R DB 7 O C, BERAIZE T A CIE R
<, BHRERDHHEET A% TH 5. Yoshimura
and Shields [12] OBITHY LiF7z, T8 HAEMH D3R
ATZT D RO RSO RE T, #ISERT v
2 X VIRIESSES . CBIT-2CRE 7 LTSS & 2 A
AR EHEEE GRIZMICET & 2 MR 0@
AHE) ORNCHR BT, RIE ) —IHEEEE S
b Flo, BOEINKTZ Iy T4 X n (—IEER
B OXH IO EOY &1, #ISERT vy
WALHERRBEL (f = f(n)) &7 5.

22 RHAMOWENH
REEOFEINE, EiE 11 L BB OB % BB
EVRF D20, —EEIFI ST, BREEERAE ML
T, WEEGATHEEZHND. KEOBETIE, FEB
IS HOBIZT D BIG-3 5 WA 5 2R EE(R T Ch
B, fHHO 02, BETRIEFEERES m &3 55
W—E OIS CELTE 2 L ET S (4 1(b)).

= hiam) = ——exp (—(‘”” ;UT)Q) 2)

DF Y, PIHERE m A ABEFENS L B0, TSSO
BRERSACTHODIND EER D9, 12]. %&b,
REIIE EIRE TRASH 5 0T, BB IIZIER G 1E
2 70,

2.3 BIEFHEOBEGE

& B BIEFROBISE L, AR OBIGERT >~ ¥ ¥
W ETERSA D SFIHETE D, — DO MG TR
B w(m) 3K 5121, &4 ORRIZBIT 280 ER
T Yy VEZFoME HE) 2T AEDbET, fE
SRRz TR (F5) LTwiridiw:

w(m) = /000 f(@)h(z,m)dz (3)

g (A1) OB (0,00) 1%, EFEICIZEEY 1 X0
#iP (min {z}, max{z}) TH 5. #EETHTH2LF
WEREOBIGE wim) 1X, 20 X9 ICEHEORRS

2022 4F 1 A%

HOBEATFIEER D, 22T wim) id, KEz 2
HF R IEE D720 2 2OV TORGR [ 12727,
77y FHA XD L) HEHEOLE (n) O%E1E, B
KTE%L, niZ20nToER Y 45,

FZGEIRIE, EE TR L > TSN 0T, JijE
L7 D1, FolPIER Mmax (22T, w(mmax) =
max{w(m)}) TH5. FFH GRERY) 121, wim
& f(z) ER2 20T, BEFIEEE mma (G
EFRED) ERBEAER Tmax (KRB 13—F LA, W
HOEL, BN, ERERT VY v L f O
DI & FHBOMERGAT h OFIZKE S HEBESND,
R, ZoDBHDODVE (skewness) 25K E <
boTL 5. REOBITIE, WS hiTbnELD
THHD, MEERT VYV fiE, bOESAICK
EVOT, RETIER mmax BIREFE max £
HNEL %2 (K 1(a), BO Znax D5 Mumax 12H124)
[12]:

Mmax <K Tmax (4)

FBELS, BIBEART > 2 %V f BRIEAEE fmax & T
DISIRIZEEA T, DVEFE TR TS, 728
X, TERORSHEEOMEES YO (ARZH) Tho
ELEL, WEPDLIZONTIKL 25 [Fifih] o
AT, DWENT T AIFFICKEL R LDT,
X (4) O X9 IR PHE 53 WO Al o s o WO & D)
MM B, W OB, BIR, EAREZ-
720, bWEISIZIZHL, RoEE TR REES
BE—FT 25605500 LN GV, BREARIC
£ RBITPHEE A 2 b OB EITIE, ZOZoDH
BEFTTEZLULEND D,

Pk k912, L hhb 2 BmiE 7Rl oo,
HAREIRAE @ T B R L Vo8O T
OFEBRI O #ME L IARBEWIC® 25, —ikIC, &
HMORFEEIE, SEFROKRBEE,S TN TS,
BRBEAREEVE % B 2 72 BRERIRO R~ %
EZDHEE, TORmBOMRGHI L LELFITTE
2, G TR OB OREN Z P 5. FEEEE T,
EEIE AL L WO MEEZ BTV 2012, B
AFEEE BRBAER) %40 Z e Lotz F07:
B, BIETHTHLFYPE L HAROERBTTH Lk
BRI BT RELLDE LD TH o7 (72
& %1%, Price and Waser [13]).

3. BAEROREMERE

HAGRIRZ ik 7o 2 b E 2720 & F0HW
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BIEL (ol bFE) 13f2» &) REA S 5. 1990 4
ELANE, ELORETICB VT, BRI HYE
BEM P EICESE— 2 E 2 o T&/ LA
%%, Yoshimura and Clark [14] (& 1991 4125801215
G OE SR O BT @5 B & 3z o BRBE% T
HoHIEERRLE. ¥ O0Mo B EBAMELE
TLOD. T, EOLH)RTHRLAICBWTHK
BRAEZ 0LV EVISERT L. 22Tk, =
DOREDENEZFELERL GO THHT 5.

3.1 EMFEHERE

PERDOFMTFFI WIS E OB SX, FICENERF T
FLOIZ 20 A A ICHEY. ST & 7208, kT
DBEFB L OCEEFEOREEYFE 2 TW5 [2, 3].
KM DT, BELZFNIEBL L 2w, HEY
A4 X () bZFNFEZ L. Z0kn, %
M (AR offEid—e, BRE—esel, &
ETO54F I 7 AFER LT, #nTHEOHEE
B 2Lk s, 7, B THEEZBEN
VR ZHR) 72002, SRR 2 e S 5. TAto
EBEOMAEEAY 100 AL EOYEE, ZOMEIZE
UM 2w EE 2 BT,

SEEEIGE L, DT L9 ICERHTE S, 22T,
fH.O7zDI2, MW R ESEET ML 22 w—fk
EWaEz LS. HIEET x OFHHEIGE w(z) 13,
TMAAOERADOT, UTOXTHREHTEL (N iF
TEE%D)

1 N
w@) = 5 > S )

ZZTIE, HAHER (R o, #afr x2do
EETRTOBIGERT » ¥ ¥ VOFEATCEEDS, Z0
Tz % b OEAEHOFIELE L ERSN S, E
Tt e ORbVIZHIB  LEZDE, BHOVIEL
X, $RCOTOBEERT ¥ ¥ ) (FHE) o
FHEEZLZIEDLTEL, bbAHA, AR ELL
DEWIE 2 kA (EFICLELEE Ty bR
2b0) 0w, R (5) IFBEETHMILIZE 2 L UE
BdH Y, BIETOBISEORSIIL LEMICR D, it
ROBETETIV (X (5) IZBWTH, £JHEDP X~
TIWVEED &) IGRET RO A THIEE I, BREEE
%2 BE21E, ZORHMEEE% B L -Hiko
TR BRI X (3) WEDSWTRMET 24
W 5 (8, 12).
FEEOTFIMIIZE T, F@EREE LIE L ISR
SHIKIORE & WO, A AP E Ltk (RN

8 (8) Copyright © by ORSJ. Unauthorized reproduction of this article is prohibited.

WA EICOVTEZTWA, —iRIZBIEE A - X 2
2 k7% DT, 2 ERDSBARIZIE L 72356 Tl
WZIEBR OB A % <, ST 2 R EETA 12O
LOMETHHINTE L, L woIX, SR
AT B AT, EIRERFOMEREAHA L TDH,
EEHEGEDSS TN EEAT 5 &, IRERBRT O
BEEZ EALCLESD. o), MEEMomMMIE, &
{EFHEE TV TIEIRR .

3.2 HMEHERGE

% O BMEERE (R 11X, £ < otz b7zo T,
A K EORMN G BEBELE 2 K8y 5. &5
12, B20EYERES S o ERTELTS. C
D&y, IR TEREEAK E L3 A1,
BEEEEPIRE LB LS. 2o7zo, BEHmCE
D& REED - REE S o AR &S D,
B a3k 2 &% L 22> 72, Yoshimura and
Clark [14] &, BURH OB, 3 2 b B AMF158E
ISJEAS, BTG B O MR & 340 0 B RN
WMOMIBETHDL I L RR Lz L, EERIVE
PRBEFHER O A~OILHTH L. 2F ), BEA
WEEVEADS, & TR ORESRGAT & 7 - TEHND.
MATPHBIGE R, KO X2, RTAETHHRT
&% [10, 11]. 1 P * A A 3 DA 2 U
DAA (AOFR) 2EGCERET S, 22T, %
EL7-BREE T, SHRRICIE, 2 x 2 x 2 =8C
ER BN, BRENEHLALEICIE, 2 X3 X1 =
6ILE 2 bd L, EEEREI T, —liftdh 7
D (2% 3x1)Y3 =182 [LOBGERE RS, OF )
WAEROBENTFIYL 2 5 TH LA, ERD 172
D ORI, BRELAHOREY IS LKL ST
LED. BAMICHRIMFIED L CLEBHDTDH S L
BT L bR 2 b, IND, BN EY R
HIETH B,

AP RN 7 BB L) 2T, —o0
BETFROBAEHEIETEZ L9 [14-16]. ¢ RO
EE N, FERESR BHE) 2 r, 8928, K

D (t+ 1) WROMAEEL Neyr 13,
Niy1 =riNy (t=0,1,2,---). (6)

ZZT, MERESR (W) r 3, BAEOS T b
OWMN DT v T LERET S, A (6) £, ¢ g
DEEE Ny 1,

t—1
Ni =[] r:No. (7)
i=0

FRL—2a v X )H—F



fg(r)
(-]

~~
()
~
-
<

Fg(log r)
[—}
[—3

(b) 0.5
04}

03}

h(r, z)

0.2
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0.0
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0.5}
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logr
(d) 0.5
04}
N
L, 03¢}
20
= 02
==
0.1
0.0 . .
-20 -10 0 10 20
logr

B2 FATFIEG EE O B FOR & £ ORI
(a) EHOBISEME logr. (b) BIZHOMERFHDO=2>DHE. (c) (a) % log
Zi L7200, (d) (b) % log L7 @, BERFOBIGEREL logr (35 H
logr ECIXEM (c) &7 5A5, ZOMFSAIZIER S (d) &7 5 [9).

SATTIMIGREL, FHEOEAMT T (3) o
FOBRFIZBT 2 HRFANDISHTH 5. O
&0 A 2 AR R R ORI 5 2 L b
2k, ZIT, 1HRBL) ORERE L TR
ISIE G(r) DEHTE D,

-1\ T
G(r) = <H ri> = Hrfj (8)
i=0 j
2L, Pjldr; ORI AMEEREERT. OF D, &M
PREBEIGED S o & b EWEE T RS ERERO 70
2 &) BT .

G(r) — max 9)

G(r) EHFHMAE S DT, G(r) DRAILEZ 0%
BOBALIZE LY, @212,

log G(r) = Z P;logr; = E{logr} (10)

log G(r) — max. (11)

72720, EGHIfE (BETe) Ths. o), I
RO RO B2 IR 5 BISEE & A7 2 L’
T&h. 22T, MEMERr 20 80BN 1208

2022 4F 1 A%

S U ANBEREGET B L, WNEW T, logr 1
MIEBIEL L 72 ), logr OMESRGANIIER 54 & % 5
(4 2).

HAREIROREL, SFEBEIEICEN ST D L
FERONTELIELHY, U A7 GEEIER ) A7 (0]
BERENE 72 &b SPGB > T O Bk 72 o —
ALHbN Tz, UL, 1991 41T V-3458 0
AT R & T, D Fd A LM Td B LA
O o7z [14]. HEROFMFIBISE 1L, ik
ERELZWE X, BEES—ED L ZICHAERIHZE
SRS AN 18 &b 2 R B o L T ot k7
OLA% LDz TW5E, FAPEELER, L) EH
OB 7Ot A2 R E LTBY, EALE
WS & ) BENCIRRe ST AR E LT TS, HES,
TUYOFaTDAADOIES T S EIIENE (K 3) [15)
REBDXADFLREN [1T) DL H 12, BEAPLET, +
FAFRESET B L9 S Rl & % 5.

4. SEORE

HAREIRO Sl TR, BE R O SR -3 85 B
AT, BATTFIGEISED S 5 2 EhbhroTET
INH OGNS LD &) i kAT &R T H
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K3 €Ty udFavyolds F & EINEE ORI 8I0 %
EVTUF 37O RAADT 100 JITNTH v XV
JILTLE D &, Sydud Bl Uk lc £ - T4
WLTLED. T2, IRTUMNSRHFEIAELE, 9
HFUIFHIZHLZ C, RIEDEHLTLED. H5HED
RGO & S IRMPIBICEITRAT 1 L) KE
<, BEIMIZHERTE S [15].

EZDE, ZOOMALEENR AT B (11,

o AL 1 B (HIBIEL : AP IdIs ) - &
HHIZ D72 o TRz [ L CEfe s % & v ) AT
BRI

o AL 2 B (HMBIE : AT Iy #InEE) « £
S OMAR, HHDOMEEMED T WEATEEOH T, 13
O X0 AR R Mg O AE

DX, HEREL SN TV OB AR T,

HEALD 2 I & o 72 ikhE & FL T 7z, BT 8
TSEE DRI & 2R 7 @121, X Y Ea s
IBRABE A LIS (FIHT %) b o (ERO#Ig) A3
WAL 2 EE 2 5N5 [10). BEEFET 52,
Ny ATRTENTO—FBIIALND EESE aEE
FIHT 25EEPB L LTEIT N, B FI#HIG
RN, ST O I 2 B & B ) A
M &0 &) BEHIN BB 0BT, ) A7 5%
) A7 A#OBBAEECH S [10, 11]. EELR KA
VM, BT EISE ORAIGIE,  UIE L IEETE
BWORAEEEEIZL TR 22 TH D, WiHio X
INEHFOBBIZN S &9 ZEWE, LIFLIE, 2o
AT BICE ORI LAEEIC 2D, 72k 21, =
AFE—IZHOENLHRE 2 ASCHRRLREDOH TOEN
DHEER EREOERICEBT 21T, Z0X) %
ORI TH A 9 [10]. F72, @EILLBHO S
Ot HIEEBROB EIC RS TS M I &
HOIAARTH 95, TOEDNZ D XD 4Bl
BTOEREZTHEE LTV ARMIEEEZ 55 [10].
AT PIgRG EEAS, BRI IR — B 2 &
ODOHFFID ) 2 TORMALTH S & 512, AT
JSED WL Onff b d 5. FIFEERED D -

l“ (10) Copyright © by ORSJ. Unauthorized reproduction of this article is prohibited.

EBHEELRBNIE, TV Y LEHTHLRERr
FNIX O E L 5 GEERA LW ETHE. DFD,
MR D B W, AT G(r) = 0 D721,
FRITARRRIC 2 5. Er O a vHEOEINCBITS Y
A7 G BREE (15, 16] O & 912, $FEOA&BSRT (2
CTIEHOF ¥ XY M) ISR FHA O L S A
WA A OMIE ) A 2 03B H A, BT oR!
BHPWEETH 505, TRTOEBEIZ B\ TFRKEZHE
VAT S BEEE, M) A 7w AT RS RS
EEMTE 2w, IR DS 46 BE, ZOHT
DA O A RL2 & iE) & B b 5 BREE L) R
W2, FREGORETI, FEDE, KO RE
BCTH L. BEIZREINDLLEHOEN O KM L+
DHEOMALDO IR Z FFMIIR S 2 Lk F 2 TE T
s,

HEALL 2T, BALHGRO KD K E R
FWATHS, —2HIR, KFEEOPIHTHS
9 [18,19]). PRI L 727 a7HiiE, DNA ICH S5
%< (3L ALTNT) OBERERIIRBINCE K
MENZWI ERIERHLZ. Jhcky, BEREIC
LY BEIENLEE L DNA BAIIIKELRF v v 7
HopIEnbhotz Fiz L STEWFORE
2R, LR IR ST KRR H o 7. Fhg,
DNA & X F)WAb% & DNA EofEfi (v—7—) |2
LB DA T T4 Y TDRERTHD 20
o DNA Eofiid, AWEErETnchrs, &
BlIZXoTHiFeonsdbnThsb ANHRELL A
YT, DNA BH#i7Z 5 R > Twb. 20 DNA B
i RIS EIET 2 b DA D B 2 & DTETERD
sz FEI, MR LLERTO VA & v 2ot
T HHEHRTH S, O DNA FOBEERE OB
1, M EEIBEOBIEERE L2V A &y a )tk
Lozl EDiEHE R 572, OF ), BIEFDZER
BERPZIHPBIET HAEROHRE VD DR, B
b5 A BLR & L CHERS L 72 RIEE O HARERIRO KR
ERBIENbhoT. DL, MBI D KA
GEEOBREMZ TWAD, S W L 72 %m Y
FGE O 7 0 & A5 OEFHZE OHEALIZ &0
LN Eh Db B 0IEEHOBEETHS ).

5. &bHYIC

F—7 4 ¥ OFEE L7z BARERIGG O HELE 7OVAL
&, 20 MR TAMELDFAT & L CTHESL S L7273,
CAUIHAMTFIgEIGE 2 BB R E & 2 b7 o
ADBHHEGRTH o/, TITEELR I LIE, BHP

FRL—2a v X )H—F



Yre BB L 3 2 & E, REICEH&EELE
TNVTH5D. %@@1%1$K&M$w@m§%a%
& T BB AR S 2 HS, SAUEER LA R
L7728 bR Th 5. T oEWE, OR O
TLIETH . OR I2B W THIEFHE R FEA A
% &% OMHREIREWICHYET NV CTH D, (ERD
HIfERh a2 2 OWRO 7 — A HER ORI, ZHH O
ﬁ*ﬁ(?ﬁﬁ)wﬁﬁwﬁéépu.Oib,ﬁ%
D — AL, AEWICHNET LTS ), FEBEO
Bt 2 & 7 A L BMEIC & 2 FET LR,
SFOATH 7 EREBR B R R L, REMIZ Bk
fLeABebb0ld, VFv—F- - XY rP—AT
TEST L 7= BRI [22] &R b Y ¥ —F » OMERGIH
(stochastic control) [23] TH 5. ZOMFE2S, 4
WHEALIZ BT Db & OR 2B AR Lo
f‘%ﬁ%ﬂii@l_b“(w%i%/a\ﬁ‘yw:kﬁib%}‘é FEp

, RSEEISEE L, ANV v ORE T F O S
T&é.tt,NWVy R ETOH S0 A1
THOHEFZ BN T W5 75, AP LB -2 B B

B2 2 FETH 5.

HE CORNFEERETIHREE o T wi
HARFNL =3 3 >y X - )% —F 555 L Wi HR
DOHAHBREIZIOL D BILEZF L LT 5.

SENH

[1] C. R. Darwin, The Origin of Species, John Murray,
1859. (UUZHE— i [HEORIE, T3], El#EE, 1990.)

[2] R. A. Fisher, The Genetical Theory of Natural Se-
lection, The Clarendon Press, 1930.

[3] D. Hartl, Primer of Population Genetics, Sinauer,
1981, (MHHEZE, AFIEFBR, [HEEEEFAM], B,
1987.)

[4] J. Maynard Smith, “Optimization theory in evolu-
tion”, Annual Review of Ecology and Systematics, 9,
pp. 31-56, 1978.

[5] G. A. Parker and J. Maynard Smith, “Optimality
theory in evolutionary biology,” Nature, 348, pp. 27—
33, 1990.

[6] G. E. Hutchinson, An Introduction to Population
Ecology, Yale University Press, 1978.

2022 4F 1 A%

[7] R. E. Ricklefs and G. L. Miller, Ecology, 4th edition,
W. H. Freeman and Company, 2000.

[8] B, B ORHENE & E Ak,
45, pp. 185-190, 1995.

[9] J. Yoshimura, Y. Tanaka, T. Togashi, S. Iwata and
K. Tainaka. “Mathematical equivalence of geometric
mean fitness with probabilistic optimization under en-
vironmental uncertainty,” FEcological Modelling 220,
pp. 2611-2617, 2009.

[10] #AH, [RVWEZESEN 2 —RE,rLEZ DL
Wil fbi—l, FrEitt, 2009.

[11] TR, [HERIEL LY % < B2 O h—Hk
OELR—], FiEEE, 2012,

[12] J. Yoshimura and W. M. Shields. “Probabilistic op-
timization of phenotype distributions: A general solu-
tion for the effects of uncertainty on natural selection?”
Evolutionary Ecology, 1, pp. 125-138, 1987.

[13] M. V. Price and N. M. Waser, “Pollen dispersal and
optimal outcrossing in Delphinium nelsonii,” Nature,
277, pp. 294-296, 1979.

[14] J. Yoshimura and C. W. Clark. “Individual adapta-
tions in stochastic environments,” Evolutionary Ecol-
ogy, 5, pp. 173-192, 1991.

[15] J. Yoshimura and V. A. A. Jansen. “Evolution
and population dynamics in stochastic environments,”
Researches on Population Ecology, 38, pp. 165-182,
1996.

[16] V. A. A. Jansen and J. Yoshimura. “Population can
persist in an environment consisting of sinks only,”
Proceedings of the National Academy of Sciences of
the United States of America, 95, pp. 3696-3698, 1998.

[17] Y. Yasui and J. Yoshimura, “Bet-hedging against
male-caused reproductive failures may explain ubiqui-
tous cuckoldry in female birds,” Journal of Theoretical
Biology, 437, pp. 214-221, 2018.

[18] M. Kimura, The Neutral Theory of Molecular Evo-
lution, Cambridge University Press, Cambridge, 1983.
(AJHEsE, HFEE—HR [DrEbohizgl), Kotz
), 1986.)

[19] AASEE, TEWEILEZEZ D], EUEENE, 1988.

[20] K. Matsuura, “Epigenetic inheritance and a
paradigm shift in evolutionary ecology,” Population
Ecology, 62, pp. 15-16, 2019.

[21] J. von Neumann and O. Morgenstern, The Theory
of Games and Economic Behavior, Princeton Univer-
sity Press, 1944.

[22] R. E. Bellman, Dynamic Programming, Princeton
University Press, 1957.

[23] L. S. Pontryagin, V. G. Boltyansky, R. V. Gamkre-
lidze and E. F. Mishenko, The Mathematical Theory of
Optimal Processes, Interscience, 1962 (translated from
Russian 1969).

FENS

Copyright © by ORSJ. Unauthorized reproduction of this article is prohibited. (11) II




<<
  /ASCII85EncodePages false
  /AllowTransparency false
  /AutoPositionEPSFiles true
  /AutoRotatePages /None
  /Binding /Left
  /CalGrayProfile (Gray Gamma 2.2)
  /CalRGBProfile (sRGB IEC61966-2.1)
  /CalCMYKProfile (Japan Color 2001 Coated)
  /sRGBProfile (sRGB IEC61966-2.1)
  /CannotEmbedFontPolicy /Warning
  /CompatibilityLevel 1.6
  /CompressObjects /Off
  /CompressPages true
  /ConvertImagesToIndexed true
  /PassThroughJPEGImages true
  /CreateJobTicket false
  /DefaultRenderingIntent /Default
  /DetectBlends true
  /DetectCurves 0.1000
  /ColorConversionStrategy /LeaveColorUnchanged
  /DoThumbnails false
  /EmbedAllFonts true
  /EmbedOpenType false
  /ParseICCProfilesInComments true
  /EmbedJobOptions true
  /DSCReportingLevel 0
  /EmitDSCWarnings false
  /EndPage -1
  /ImageMemory 524288
  /LockDistillerParams true
  /MaxSubsetPct 100
  /Optimize true
  /OPM 1
  /ParseDSCComments false
  /ParseDSCCommentsForDocInfo false
  /PreserveCopyPage true
  /PreserveDICMYKValues true
  /PreserveEPSInfo true
  /PreserveFlatness false
  /PreserveHalftoneInfo false
  /PreserveOPIComments true
  /PreserveOverprintSettings true
  /StartPage 1
  /SubsetFonts true
  /TransferFunctionInfo /Remove
  /UCRandBGInfo /Remove
  /UsePrologue false
  /ColorSettingsFile ()
  /AlwaysEmbed [ true
  ]
  /NeverEmbed [ true
  ]
  /AntiAliasColorImages false
  /CropColorImages false
  /ColorImageMinResolution 150
  /ColorImageMinResolutionPolicy /OK
  /DownsampleColorImages true
  /ColorImageDownsampleType /Bicubic
  /ColorImageResolution 300
  /ColorImageDepth -1
  /ColorImageMinDownsampleDepth 1
  /ColorImageDownsampleThreshold 1.00333
  /EncodeColorImages true
  /ColorImageFilter /DCTEncode
  /AutoFilterColorImages false
  /ColorImageAutoFilterStrategy /JPEG
  /ColorACSImageDict <<
    /QFactor 0.40
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /ColorImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000ColorACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000ColorImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasGrayImages false
  /CropGrayImages false
  /GrayImageMinResolution 150
  /GrayImageMinResolutionPolicy /OK
  /DownsampleGrayImages true
  /GrayImageDownsampleType /Bicubic
  /GrayImageResolution 300
  /GrayImageDepth -1
  /GrayImageMinDownsampleDepth 2
  /GrayImageDownsampleThreshold 1.00333
  /EncodeGrayImages true
  /GrayImageFilter /DCTEncode
  /AutoFilterGrayImages false
  /GrayImageAutoFilterStrategy /JPEG
  /GrayACSImageDict <<
    /QFactor 0.40
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /GrayImageDict <<
    /QFactor 0.15
    /HSamples [1 1 1 1] /VSamples [1 1 1 1]
  >>
  /JPEG2000GrayACSImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /JPEG2000GrayImageDict <<
    /TileWidth 256
    /TileHeight 256
    /Quality 30
  >>
  /AntiAliasMonoImages false
  /CropMonoImages false
  /MonoImageMinResolution 600
  /MonoImageMinResolutionPolicy /OK
  /DownsampleMonoImages false
  /MonoImageDownsampleType /Average
  /MonoImageResolution 1200
  /MonoImageDepth -1
  /MonoImageDownsampleThreshold 1.50000
  /EncodeMonoImages true
  /MonoImageFilter /FlateEncode
  /MonoImageDict <<
    /K -1
  >>
  /AllowPSXObjects false
  /CheckCompliance [
    /None
  ]
  /PDFX1aCheck false
  /PDFX3Check false
  /PDFXCompliantPDFOnly false
  /PDFXNoTrimBoxError true
  /PDFXTrimBoxToMediaBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXSetBleedBoxToMediaBox true
  /PDFXBleedBoxToTrimBoxOffset [
    0.00000
    0.00000
    0.00000
    0.00000
  ]
  /PDFXOutputIntentProfile (Japan Color 2001 Coated)
  /PDFXOutputConditionIdentifier (JC200103)
  /PDFXOutputCondition ()
  /PDFXRegistryName (http://www.color.org)
  /PDFXTrapped /False

  /CreateJDFFile false
  /Description <<
    /JPN <>
  >>
  /Namespace [
    (Adobe)
    (Common)
    (1.0)
  ]
  /OtherNamespaces [
    <<
      /AsReaderSpreads false
      /CropImagesToFrames true
      /ErrorControl /WarnAndContinue
      /FlattenerIgnoreSpreadOverrides false
      /IncludeGuidesGrids false
      /IncludeNonPrinting false
      /IncludeSlug false
      /Namespace [
        (Adobe)
        (InDesign)
        (4.0)
      ]
      /OmitPlacedBitmaps false
      /OmitPlacedEPS false
      /OmitPlacedPDF false
      /SimulateOverprint /Legacy
    >>
    <<
      /AllowImageBreaks true
      /AllowTableBreaks true
      /ExpandPage false
      /HonorBaseURL true
      /HonorRolloverEffect false
      /IgnoreHTMLPageBreaks false
      /IncludeHeaderFooter false
      /MarginOffset [
        0
        0
        0
        0
      ]
      /MetadataAuthor ()
      /MetadataKeywords ()
      /MetadataSubject ()
      /MetadataTitle ()
      /MetricPageSize [
        0
        0
      ]
      /MetricUnit /inch
      /MobileCompatible 0
      /Namespace [
        (Adobe)
        (GoLive)
        (8.0)
      ]
      /OpenZoomToHTMLFontSize false
      /PageOrientation /Portrait
      /RemoveBackground false
      /ShrinkContent true
      /TreatColorsAs /MainMonitorColors
      /UseEmbeddedProfiles false
      /UseHTMLTitleAsMetadata true
    >>
    <<
      /AddBleedMarks false
      /AddColorBars false
      /AddCropMarks false
      /AddPageInfo false
      /AddRegMarks false
      /BleedOffset [
        0
        0
        0
        0
      ]
      /ConvertColors /NoConversion
      /DestinationProfileName (Japan Color 2001 Coated)
      /DestinationProfileSelector /UseName
      /Downsample16BitImages true
      /FlattenerPreset <<
        /PresetSelector /MediumResolution
      >>
      /FormElements true
      /GenerateStructure false
      /IncludeBookmarks true
      /IncludeHyperlinks true
      /IncludeInteractive true
      /IncludeLayers false
      /IncludeProfiles false
      /MarksOffset 0
      /MarksWeight 0.283460
      /MultimediaHandling /UseObjectSettings
      /Namespace [
        (Adobe)
        (CreativeSuite)
        (2.0)
      ]
      /PDFXOutputIntentProfileSelector /UseName
      /PageMarksFile /JapaneseWithCircle
      /PreserveEditing true
      /UntaggedCMYKHandling /LeaveUntagged
      /UntaggedRGBHandling /LeaveUntagged
      /UseDocumentBleed false
    >>
  ]
>> setdistillerparams
<<
  /HWResolution [2400 2400]
  /PageSize [595.276 841.890]
>> setpagedevice


